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A B S T R A C T
Tropical protected area management strategies have traditionally been heavily skewed towards high carbon,
primary forests. This focus can result in areas, such as heavily logged forests, being viewed as low quality and
thus oﬀered up for conversion. We assessed the importance of intact to heavily logged forests for the Bornean
elephant in the Malaysian state of Sabah. By modelling distributions of elephants throughout Sabah based on
GPS telemetry tracking of 29 individuals and airborne three-dimensional forest mapping, we present the most
wide-scale analysis of forest use by Bornean elephants to date. Forests of 13m in stature were found to be of
highest suitability for elephants, especially when these areas were ﬂat and low lying. Forest statures of this order
are consistent with degraded landscapes, often viewed as suitable for oil palm conversion. Less than a quarter of
fully-protected intact forests in Sabah were of suitable stature for elephants, whereas disturbed commercial
forest reserves were found to be highly suitable. We suggest that the importance of degraded landscapes for the
future of elephants is currently underestimated, and thus, the need for the preservation of such habitats is not
seen as a priority. The loss of these landscapes to large-scale agriculture could prove detrimental to the longevity
of the species in Borneo.
1. Introduction
Land use change has had, and is predicted to have, the broadest
negative eﬀects on global biodiversity (Foley et al., 2005; Sala et al.,
2000). Areas currently experiencing high rates of land-use change are
tropical biomes, with this trend increasing (Hansen et al., 2013). Land
use conversions occur for a variety of reasons including timber pro-
duction, conversion to agriculture, mining, human settlements and
many more (Brandt et al., 2016; DeFries et al., 2004; Laurance et al.,
2014; Meyer and Turner, 1992). Furthermore, activity such as selective
logging has the potential to degrade remaining habitat, which is often
subsequently viewed as of lower conservation priority (Edwards et al.,
2014). Rather, logged forests may represent a major, currently under-
valued, tool for biodiversity conservation, with much of the original
biodiversity often being maintained (Berry et al., 2010; Bicknell et al.,
2015; Edwards et al., 2014; Prosser et al., 2016).
In Southeast Asian forests, selective logging has historically targeted
valuable dipterocarps, which contributed ~80% of timber exports from
the region between 2006 and 2007 (ITTO, 2008). Across studies, logged
forests appear to maintain ~90% of original biodiversity, when com-
pared to that of primary forest (Berry et al., 2010; Brodie et al., 2015;
Meijaard et al., 2005). Retention forestry, whereby a proportion of
original vegetation is left unlogged, has been shown to further reduce
negative impacts on biodiversity (Fedrowitz et al., 2014; Gustafsson
et al., 2012). Although myriad studies have examined the eﬀects of
logging on fauna (Prosser et al., 2016), many suﬀer from incon-
sistencies in design (Laufer et al., 2013). Furthermore, many meta-
studies foster broad generalizations about selectively logged forests that
may lead to misleading conclusions, particularly with regard to dif-
fering logging intensities (Burivalova et al., 2014). The eﬀects of log-
ging on large mammals present further challenges, with many species
elusive and habitats inaccessible.
The Bornean elephant (Elephas maximus borneensis), as sub-species
of the Asian elephant (E. maximus) and the largest mammal in Borneo,
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is now thought to be indigenous to the island, with genetic evidence
dispelling a widely held notion that the sub-species was introduced by
humans (Fernando et al., 2003; Sharma et al., 2018). Asian elephants
are broadly listed as endangered on the IUCN Red List (IUCN Red List,
2008), with Bornean elephants numbering just ~2040 individuals
(Alfred et al., 2010). A large proportion of existing ecological research
on Asian elephants has focused on populations in mainland Asia
(Koirala et al., 2016; Kumar et al., 2010; Jathanna et al., 2015; Liu
et al., 2016; Sukumar, 1990; Steinheim et al., 2005; Wadey et al.,
2018). Mainland Asian elephants are found in a variety of habitats,
ranging from savanna, where their presence is negatively associated
with increasing rainfall and normalized diﬀerence vegetation index
(NDVI) (Jathanna et al., 2015), to rainforest habitats, where riparian
vegetation plays a key role in water and food availability (Kumar et al.,
2010). Bornean elephants, conversely, being restricted to Northern
Borneo, are found in largely lowland rainforest habitats (Alfred et al.,
2012).
Conservation planning in tropical forests has historically focused on
Fig. 1. a. Release locations of GPS collared elephants throughout Sabah. b. Location data for the metapopulation of GPS-tagged individual elephants indicating the spread of data.
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a few core traits broadly associated with intact, primary forest cover.
Whether these traits aid in the sustainability of mega-faunal popula-
tions is largely unknown and of critical importance to the survival of
conservation emblems such as elephants. Such species play a critically
important role in the funding of conservation programs that protect
habitats and biodiversity. Additionally, there are enormous positive
eﬀects of ecotourism, with Sabah gross tourism receipts for 2016 to-
taling USD1.72 billion and approximately 60% of that spent on eco-
tourism (Sabah Tourism Board, 2017; Sabah Wildlife Department,
2010). The growing ecotourism sector has the potential to outstrip the
economic gains that can be achieved through traditional forest har-
vesting incomes, such as logging (Kirkby et al., 2010).
Here we examine the habitat preferences of Bornean elephants
through the use of airborne forest canopy laser scanning, also known as
LiDAR (Light Detection and Ranging), combined with Global
Positioning System (GPS) animal telemetry data in the state of Sabah,
Malaysia. We assessed the suitability of current protected area classi-
ﬁcations and whether traditionally celebrated conservation areas are, in
fact, suitable for Bornean elephants in Sabah. We also consider how
future protected areas could be established to aid the long-term survival
of this species.
2. Methods
2.1. Study region
The study examines the Bornean elephant range throughout Sabah,
Malaysian Borneo. The area encompasses forested areas within central,
southern and eastern Sabah. This habitat represents a largely con-
tiguous, connected, forested region. However, although there exist two
notable barriers to connectivity within the meta-population, the Lower
Kinabatangan ﬂoodplain, and Tabin Wildlife Reserve, both of which are
surrounded by extended areas of both mature and new oil palm plan-
tations.
The eastern part of the state is dominated by the Kinabatangan
ﬂoodplain, this low elevation and lack of slope lends itself to eﬀective
oil palm cultivation (Corley and Tinker, 2003). Despite widespread land
conversion the remnant disconnected forest fragments harbored a po-
pulation of 95–115 in the late nineties (Sabah Wildlife Department,
2012) with the population now thought to have grown to ~250 in-
dividuals (Alfred et al., 2010). The central forest block in Sabah is
comprised of less disturbed forest, overall, largely ensured due to a lack
of accessibility and challenging terrain. Maximum elevation within the
study region is ~2500m, with mean elevation ~140m.
Protected areas in Sabah are categorized into numerous classiﬁca-
tions. Totally Protected Areas (TPAs) are listed as Class I, under Sabah
Forestry Department, but also include Wildlife Sanctuaries, under the
protection of Sabah Wildlife Department, and the Park system under
Sabah Parks. Commercial forest reserves in Sabah represent large pro-
portions of land mass and are classiﬁed as Class II. Numerous other
classiﬁcations exist from Class III–VII; however, these represent rela-
tively small land coverages.
2.2. GPS telemetry
A total of 37 individual elephants were outﬁtted with GPS telemetry
collars, with data from 29 individuals collected and utilized in this
study. Individuals were tagged with units provided by Africa Wildlife
Tracking (AWT, Pretoria, South Africa), weighing ~14 kg and re-
presenting<1% of the total body weight of a three-ton adult in-
dividual (Alfred et al., 2012), regardless of sex. GPS units were cali-
brated to record locations bihourly, resulting in up to 12 ﬁxes per day.
Individuals satellite tagged more than six years (n=2) prior to air-
borne LiDAR data collection were excluded from the analysis due to
Fig. 2. Species distribution model for Bornean elephant (Elephas maximus borneensis) displaying large proportions of the central forest block in Sabah as unsuitable for elephants.
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Fig. 3. Relationships with elephant suitability for environmental variables a) elevation, b) vector ruggedness measure (VRM), c) slope, and d) top of canopy height (TCH).
Fig. 4. Danum Valley Conservation Area, a large dominantly primary forest area found within Sabah's central forest block, shown to be largely unsuitable for elephants, with suitability
restricted to the peripheries and major waterways. This ﬁgure highlights the importance of a range of habitat types within protected area networks.
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potential signiﬁcant canopy turnover between GPS and LiDAR data
collections. Individuals were collared throughout their range, several
individuals (n=15) were darted and collared in oil palm and trans-
located to the nearest forest block to mitigate human-elephant conﬂict.
Data from the ﬁrst 14 days directly following release of each of the
individuals were discarded due to the possibility of unnatural behaviors
associated with recovery from the darting and tagging processes. This
ﬁgure was selected after examination of mean movement rates of in-
dividuals during the ﬁrst month of tagging. Two individuals were
translocated large distances (> 50 km) from their home range and thus
they were also excluded from the analysis due to potential dis-
crepancies in movement patterns following release.
2.3. Airborne LiDAR mapping
The Northern Bornean state of Sabah, Malaysia, was aerially
mapped in April 2016 using Light Detection and Ranging (LiDAR) by
the Carnegie Airborne Observatory-3 (Asner et al., 2012). Precise
Fig. 5. Class I, totally protected areas, (a) and Class II, commercial forest reserves, protected area networks within the Bornean elephant range in Sabah. Displaying variations in
suitability levels throughout network for both protected and commercial forest reserves.
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ground-based LiDAR positions were ensured using a Global Positioning
System-Inertial Measurement Unit (GPS-IMU), providing three-dimen-
sional positions and orientations for CAO sensors. Data were collected
at an average altitude of 3600m above ground level, with a scan angle
of 36° and a side overlap of 30%, for this study. Flights utilized a LiDAR
pulse frequency of 150 kHz and were ﬂown at a velocity of 150 knots.
This resulted in a mean point density of 3.2 laser shots per m2. Vertical
and horizontal errors were estimated at 7 cm and 16 cm root square
mean area (RSME), respectively.
LiDAR laser ranges and embedded GPS-IMU data were combined to
produce a ‘cloud’ of LiDAR data (Asner et al., 2007), determining 3-D
laser return locations. Where elevation is relative to a reference ellip-
soid, the LiDAR data cloud was comprised of a series of geo-referenced
point elevation estimates. LiDAR data points were processed using the
‘lasground’ tool packaged in the LAStools software package (Rapidlasso,
Gilching, Germany), detecting laser pulses that penetrated the canopy
volume and reached the ground.
These points were used to interpolate a raster digital terrain model
(DTM). A further digital surface model (DSM) was created using in-
terpolations of all ﬁrst-return points, which included canopy top and,
bare ground where only ground returns were detected. Disparities be-
tween DTM and DSM vertical diﬀerence yielded a digital canopy model
(DCM). Spatial resolutions of 2m for both ground elevation and woody
canopy height models were derived.
2.4. Environmental variables
Top-of-canopy height (TCH) was created using the DTM created
from the LiDAR point cloud. Terrain variables including elevation,
slope and vector ruggedness measure (VRM) (Sappington et al., 2007).
These data were acquired from Landsat imagery and analyzed at a
30m2 resolution. The LiDAR imagery was also analyzed at a resolution
of 30m2. Rasterized data layers were manipulated in QGIS (v. 2.18.7)
to produce slope and VRM measurements.
2.5. Species distribution modelling
Three diﬀerent species distribution models (SDM), General Linear
Model (GLM) (Stockwell and Peterson, 2002), Bioclimate variables
(BIOCLIM) (Booth et al., 2014), and Support Vector Machine (SVM)
(Guo et al., 2005), were utilized in the study. All SDM analyses were
performed in R (v. 3.4.0), utilizing the package ‘dismo’ (Hijmans et al.,
2017). These three modelling techniques were selected to provide a
range of data interpretations in order to give a robust ﬁnal model
average, with the area under the curve (AUC) being utilized to create a
ﬁnal mean model across these three models (Fielding and Bell, 1997).
AUC is widely utilized as a means of assessing model eﬀectiveness,
although there are inherent biases associated with its use (Lobo et al.,
2008). Our models utilized Hijmans's (2012) removal of spatial sorting
bias, at least partially accounting for a number of these concerns. The
area modelling focused on non-agricultural areas within the known
range of the Bornean elephant.
3. Results
A total of 29 collared individuals, were tracked between 2010 and
2017, throughout the state, with individuals from throughout the ele-
phant's natural range represented in the data (Fig. 1a). Individuals were
recorded at> 159,000 discrete locations throughout Sabah, from 2010
to 2017 (Fig. 1b). Individuals were tracked for a mean of 450.2
(± 307.4) days. Males (n=13) had a mean tracking duration of 332
(± 228) days, with females (n=16) a mean duration of 562 (± 336)
days. Individuals were collared across central and eastern Sabah over a
six-year period (Fig. 1b).
Species distribution models highlighted notable areas of higher
suitability (Fig. 2). These areas are largely located on the peripheries of
currently forested areas. Much of the remnant contiguous forest in
Sabah is largely unsuitable, with remaining primary forest conservation
areas such as Danum Valley, Imbak Canyon, and Maliau Basin proving
to be among the least suitable areas within their range. A large per-
centage of the highly suitable areas border the Kinabatangan and
Fig. 6. Habitat suitability across diﬀerent forest protection classiﬁcations, including totally protected forests (Class I, Wildlife Reserves, and Wildlife Sanctuaries) and commercial forest
reserves (Class II).
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Segama ﬂoodplains (Fig. 2). These areas have undergone among the
highest agricultural conversion rates in Sabah and this evidence sug-
gests that a large proportion of the most highly suitable elephant ha-
bitat in Sabah has already been lost.
Both the terrain and habitat variables utilized to create the species
distribution models all displayed highly signiﬁcant relationships with
elephant presence (p < 0.001), with an AUC weighted mean of 0.70
(± 0.20), across models. Terrain variables (elevation, slope and VRM)
all displayed a similar pattern with regards to elephant presence, with
low lying, ﬂat and non-rugged terrain vastly more preferential to ele-
phants (Fig. 3a–c). Elephants were scarcely predicted to occur above
2000m elevation and on slopes> 30° (Fig. 3a–c). In addition to the
strong correlative eﬀects of terrain, habitat structure was found to
heavily inﬂuence habitat suitability among elephants, with optimal
forest stature of ~13m (Fig. 3d). This is compared to a mean TCH of
19.94m across Class I (totally protected) and 18.70m throughout Class
II (commercial reserve) forests, and lower quartile statures of 15.09 and
14.06m, respectively. This indicates that less than a quarter of forest
within the Bornean elephant range is of suitable stature.
Current totally protected areas in Sabah total ~26% of the state
land area, with varying degrees of connectivity. How diﬀerent protec-
tion statuses beneﬁt elephant populations is key to the future prosperity
of the species. Class I, or totally protected areas, include a range of
suitability levels, given the range of habitat types and degradation le-
vels. Traditionally celebrated, high TCH, high carbon storage, primary
forest conservation areas such as Danum Valley Conservation Area
(DVCA) (mean TCH=32.77m) were found to be areas of low pre-
ference for elephants (Fig. 4), with a mean suitability of 0.40 (± 0.001)
throughout the DVCA. Areas found to be the most suitable within the
DVCA were largely found in the peripheries, although waterways
visible in Fig. 4 show that major rivers are likely to be the main sources
of movement within the DVCA.
Conversely, Class II, active commercial forest reserves such as
Segaliud Lokan or Deramakot were found to have a mean suitability of
0.569 (± 0.1) and 0.474 (± 0.12), respectively. With higher periph-
eral suitability, particularly in forests of eastern Sabah, there is in-
creased susceptibility to logging and hunting encroachment. An over-
view of current totally protected areas (Class I, Fig. 5a) and commercial
forest reserves (Class II, Fig. 5b) display high variability in suitability.
However, Class I protected forest represents the lowest mean suitability
for when examined as a whole (Fig. 6). The Lower Kinabatangan
Wildlife Sanctuary (LKWS) had the highest mean suitability due to the
degraded nature of the remnant forest, as well as the largely ﬂat, low
elevation nature of the ﬂoodplain (Fig. 6).
Current forests that are under Class II forest protection that would
represent the greatest impact value through their conversion to totally
protected would include Segaliud-Lokan Forest Reserve (576.9 km2),
and section of Sungai Pinangah (73.5 km2) and Kalumpang (179.8 km2)
Forest Reserves. Upgrading of these current Class II protected areas
(830.2 km2) to Class I would represent a vast increase in protection of
critical elephant habitat, particularly for Kalabakan in the south where
little high-quality elephant habitat exists.
4. Discussion
In a world of declining primary forest cover, a biodiversity con-
servation management strategy solely focusing on primary forest is
likely to miss opportunities for much-needed biodiversity protection. In
this study, we showed that a focus on protection of remnant primary
forest is detrimental to the future of the Bornean elephant. Such a
primary forest-centric approach means that habitat judged to be of low
quality may be more readily sanctioned for agricultural conversion or
clearance for other means. The importance of low-stature, scrub forest
is key to the future of Bornean elephants, with these habitats at high
risk of conversion. Flat, low elevation, land has also been shown to be of
crucial importance habitat suitability, and with these areas providing
the most productive agricultural regions (Murtilaksono et al., 2011), it
is crucially important that remaining low-stature forest in these areas
are protected. The combination of both short-stature forest and low-
lying ﬂatlands produce a high-suitability, energetically low, habitat
with plenty of feeding opportunities (Figs. 2, 3a–d).
Low stature forest is often associated with highly degraded, selec-
tively logged forests (Berenguer et al., 2014). These forests are much
more likely to have disturbed and discontinuous canopies, with this
habitat structure lending itself to far higher levels of understory vege-
tation. Elephants, as understory vegetation feeders appear to habituate
better to these “low-quality” habitats (English et al., 2014). Primary
forests, with little sunlight penetrating to the forest ﬂoor, lack the ne-
cessary levels of understory vegetation for eﬀective elephant grazing.
Furthermore, the girth of trees found in these primary forests mean that
elephants are unable to push over trees, such as with African elephants,
in order to access leafy vegetation (Guy, 1976). This theory explains
why in areas of existing primary habitat such as DVCA, it is peripheral
areas, which are more likely to experience encroachment logging,
which provide increased sunlight through the removal of larger trees
(Fig. 4). Larger watercourses throughout the range were found to be
more suitable, this is likely due to a requirement for fresh water as well
as the abundance of fast growing, palatable species, such as Phragmites
karka, an important food source for elephants (English et al., 2014).
Furthermore, forests displaying the highest suitability were largely
found in peripheral regions, often directly bordering oil palm planta-
tions. This suggests that there is substantial overlap between pre-
ferential habitat for elephants, and those sites which produce the
highest agricultural yields. Oil palm plantations also provide a source of
food, although feeding opportunities are largely restricted to younger
palms, with softer leaves providing greater nutrition, this results in the
loss of around 300–500 ha of crops per month (Alfred et al., 2010).
Elephant incursion into agricultural lands could also be related to his-
torical memories of once present feeding locations, mineral presence or
salt licks, that at one time was productive for the matriarch. All of these
factors lead to increasing levels of human-elephant conﬂict, with ad-
ditional losses of forests exacerbating the issue.
The fact low stature forests provide the most suitable habitat sug-
gests that elephant focal habitat regeneration projects may be eﬀective
over short-medium time frames. These ﬁndings are corroborated by
Evans et al. (2017), which found that regrowth forests were increas-
ingly likely to be utilized by elephants as TCH approached the 13-m
stature found here to be of highest suitability. This suggests that, given
the regrowth rates reported by Evans et al. (2017), cleared land can
reach optimal stature for elephants in just 17 years. This provides im-
portant restoration, and corridor re-establishment, impetus and, given
the global interest in elephant conservation, could help in the acquisi-
tion of funding for habitat connectivity studies. Additionally, a large
proportion of oil palm plantations which are currently underproductive
could provide valuable habitat within this timeframe (Abram et al.,
2014). An optimum TCH of 13m (Fig. 3d) suggests that, given a mean
TCH of 19.94m across Class I protected areas, the protection of rela-
tively small, localized forest fragments could have a large contribution
to habitat quality throughout the range.
Given the extensive range and variability of habitat types
throughout both Class I and Class II protected forests in Sabah
(Figs. 5–6), it is diﬃcult to make generalizations regarding suitability
throughout Sabah. Rather, large increases in high habitat suitability
areas can be achieved with the targeted protection of small areas of
forest. These forests will also often be of low economic timber value and
will in the future likely be slated for conversion to oil palm plantations
as land requirements for the crop expand. As such, a large proportion of
remaining high-quality habitat could be lost over the next 5–10 years
without the knowledge of these areas of importance.
There has been a marked increase in elephant poaching in Sabah
over the last several years, with the discovery of a number of dead
elephants and multiple seizures of ivory in Kalimantan, Indonesia (The
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Star, 2017). The suitability of peripheral forests and elephants' will-
ingness to enter oil palm plantations create opportunities for poachers.
This, together with habitat loss, is the greatest threat posed to the
fragile extant populations of the Bornean elephant. With just ~2000
individuals in the world, the loss of breeding males threatens the
breeding stability of the entire population and threatens to send the
elephant the way of the Sumatran rhinoceros (Dicerorhinus sumatrensis),
now declared extinct in the wild in Sabah.
Our study represents the most detailed examination of how this
species utilizes the forests of Sabah. However, our models are based
solely on presence data obtained through animal GPS telemetry
tracking. The study would be strengthened by characterizing areas of
known elephant absence within the region. The issue of inaccuracies of
GPS data (< 20m) also means that some of the habitat variables were
misaligned with the actual locations of the animals in question.
However, given that this study examined>159,000 discrete locations,
the overall error of the model is negligible (Hernandez et al., 2006).
Understanding of how large, enigmatic mammals utilize habitat is
of paramount importance for conservation planning strategy. We aimed
to examine factors aﬀecting Bornean elephant prevalence by assessing
the impacts of forest quality and terrain on habitat suitability. In turn,
we sought to redeﬁne conservation planning priorities based on wide-
scale, high resolution digital renderings of habitat data. In doing so, we
provide the most complete examination of Bornean elephants to date.
Through the use of targeted forest protection, it is hoped that the future
of this iconic species can be assured.
Acknowledgements
Mapping, processing and analysis were funded by the UN
Development Programme, Avatar Alliance Foundation, Roundtable on
Sustainable Palm Oil, World Wildlife Fund, Morgan Family Foundation,
and the Rainforest Trust. We thank J. Heckler, N. Vaughn, R. Martin, P.
Broderick, and D. Knapp for LiDAR data acquisition and processing
support. The Carnegie Airborne Observatory has been made possible by
grants and donations to G.P. Asner from the Avatar Alliance
Foundation, Margaret A. Cargill Foundation, David and Lucile Packard
Foundation, Gordon and Betty Moore Foundation, Grantham
Foundation for the Protection of the Environment, W. M. Keck
Foundation, John D. and Catherine T. MacArthur Foundation, Andrew
Mellon Foundation, Mary Anne Nyburg Baker and G. Leonard Baker Jr,
and William R. Hearst III. We thank Sabah Wildlife Department, Sabah
Forestry Department, and Yayasan Sabah for granting permission to tag
elephants and the Wildlife Rescue Unit for assistance in darting and
collaring the elephants. GPS units were able to be purchased thanks to
grants from Elephant Family, Houston Zoo, Mohamed bin Zayed
Species Conservation Fund, the Asian Elephant Foundation, Columbus
Zoo and Aquarium, Ocean Park Conservation Foundation Hong Kong,
US Fish and Wildlife Service's Asian Elephant Conservation Fund.
References
Abram, N.K., Xoﬁs, P., Tzanopoulos, J., MacMillan, D.C., Ancrenaz, M., Chung, R., ...
Ambu, L., 2014. Synergies for improving oil palm production and forest conservation
in ﬂoodplain landscapes. PLoS One 9 (6), e95388.
Alfred, R., Ahmad, A.H., Payne, J., Williams, C., Ambu, L., 2010. Density and population
estimation of the Bornean elephants (Elephas maximus borneensis) in Sabah. Online J.
Biol. Sci. 10 (2), 92–102.
Alfred, R., Ahmad, A.H., Payne, J., Williams, C., Ambu, L.N., How, P.M., Goossens, B.,
2012. Home range and ranging behaviour of Bornean elephant (Elephas maximus
borneensis) females. PLoS One 7 (2), e31400.
Asner, G.P., Knapp, D.E., Kennedy-Bowdoin, T., Jones, M.O., Martin, R.E., Boardman, J.,
Field, C.B., 2007. Carnegie airborne observatory: in-ﬂight fusion of hyperspectral
imaging and waveform light detection and ranging for three-dimensional studies of
ecosystems. J. Appl. Remote. Sens. 1 (1), 013536.
Asner, G.P., Knapp, D.E., Boardman, J., Green, R.O., Kennedy-Bowdoin, T., Eastwood, M.,
... Field, C.B., 2012. Carnegie Airborne Observatory-2: increasing science data di-
mensionality via high-ﬁdelity multi-sensor fusion. Remote Sens. Environ. 124,
454–465.
Berenguer, E., Ferreira, J., Gardner, T.A., Aragão, L.E.O.C., De Camargo, P.B., Cerri, C.E.,
... Barlow, J., 2014. A large-scale ﬁeld assessment of carbon stocks in human-mod-
iﬁed tropical forests. Glob. Chang. Biol. 20 (12), 3713–3726.
Berry, N.J., Phillips, O.L., Lewis, S.L., Hill, J.K., Edwards, D.P., Tawatao, N.B., ... Ong,
R.C., 2010. The high value of logged tropical forests: lessons from northern Borneo.
Biodivers. Conserv. 19 (4), 985–997.
Bicknell, J.E., Struebig, M.J., Davies, Z.G., 2015. Reconciling timber extraction with
biodiversity conservation in tropical forests using reduced-impact logging. J. Appl.
Ecol. 52 (2), 379–388.
Booth, T.H., Nix, H.A., Busby, J.R., Hutchinson, M.F., 2014. BIOCLIM: the ﬁrst species
distribution modelling package, its early applications and relevance to most current
MAXENT studies. Divers. Distrib. 20 (1), 1–9.
Brandt, J.S., Nolte, C., Agrawal, A., 2016. Deforestation and timber production in Congo
after implementation of sustainable forest management policy. Land Use Policy 52,
15–22.
Brodie, J.F., Giordano, A.J., Zipkin, E.F., Bernard, H., Mohd-Azlan, J., Ambu, L., 2015.
Correlation and persistence of hunting and logging impacts on tropical rainforest
mammals. Conserv. Biol. 29 (1), 110–121.
Burivalova, Z., Şekercioğlu, Ç.H., Koh, L.P., 2014. Thresholds of logging intensity to
maintain tropical forest biodiversity. Curr. Biol. 24 (16), 1893–1898.
Corley, R.H.V., Tinker, P.B., 2003. The Oil Palm. Blackwell Science.
DeFries, R.S., Foley, J.A., Asner, G.P., 2004. Land-use choices: balancing human needs
and ecosystem function. Front. Ecol. Environ. 2 (5), 249–257.
Edwards, D.P., Tobias, J.A., Sheil, D., Meijaard, E., Laurance, W.F., 2014. Maintaining
ecosystem function and services in logged tropical forests. Trends Ecol. Evol. 29 (9),
511–520.
English, M., Gillespie, G., Ancrenaz, M., Ismail, S., Goossens, B., Nathan, S., Linklater, W.,
2014. Plant selection and avoidance by the Bornean elephant (Elephas maximus bor-
neensis) in tropical forest: does plant recovery rate after herbivory inﬂuence food
choices? J. Trop. Ecol. 30 (4), 371–379.
Evans, L.J., Goossens, B., Asner, G.P., 2017. Underproductive agriculture aids con-
nectivity in tropical forests. For. Ecol. Manag. 401 (C), 159–165.
Fedrowitz, K., Koricheva, J., Baker, S.C., Lindenmayer, D.B., Palik, B., Rosenvald, R., ...
Messier, C., 2014. Can retention forestry help conserve biodiversity? A meta-analysis.
J. Appl. Ecol. 51 (6), 1669–1679.
Fernando, P., Vidya, T.C., Payne, J., Stuewe, M., Davison, G., Alfred, R.J., ... Melnick,
D.J., 2003. DNA analysis indicates that Asian elephants are native to Borneo and are
therefore a high priority for conservation. PLoS Biol. 1 (1), e6.
Fielding, A.H., Bell, J.F., 1997. A review of methods for the assessment of prediction
errors in conservation presence/absence models. Environ. Conserv. 24 (1), 38–49.
Foley, J.A., DeFries, R., Asner, G.P., Barford, C., Bonan, G., Carpenter, S.R., ... Helkowski,
J.H., 2005. Global consequences of land use. Science 309 (5734), 570–574.
Guo, Q., Kelly, M., Graham, C.H., 2005. Support vector machines for predicting dis-
tribution of Sudden Oak Death in California. Ecol. Model. 182 (1), 75–90.
Gustafsson, L., Baker, S.C., Bauhus, J., Beese, W.J., Brodie, A., Kouki, J., ... Neyland, M.,
2012. Retention forestry to maintain multifunctional forests: a world perspective.
Bioscience 62 (7), 633–645.
Guy, P.R., 1976. The feeding behaviour of elephant (Loxodonta africana) in the Sengwa
area Rhodesia. S. Afr. J. Wildl. Res. 6 (1), 55–63.
Hansen, M.C., Potapov, P.V., Moore, R., Hancher, M., Turubanova, S.A., Tyukavina, A., ...
Kommareddy, A., 2013. High-resolution global maps of 21st-century forest cover
change. Science 342 (6160), 850–853.
Hernandez, P.A., Graham, C.H., Master, L.L., Albert, D.L., 2006. The eﬀect of sample size
and species characteristics on performance of diﬀerent species distribution modeling
methods. Ecography 29 (5), 773–785.
Hijmans, R.J., 2012. Cross-validation of species distribution models: removing spatial
sorting bias and calibration with a null model. Ecology 93 (3), 679–688.
Hijmans, R.J., Phillips, S., Leathwick, J., Elith, J., Hijmans, M.R.J., 2017. Package ‘dismo’.
Circles 9, 1.
ITTO, 2008. Annual Review and Assessment of the World Timber Situation.
Jathanna, D., Karanth, K.U., Kumar, N.S., Karanth, K.K., Goswami, V.R., 2015. Patterns
and determinants of habitat occupancy by the Asian elephant in the Western Ghats of
Karnataka, India. PLoS One 10 (7), e0133233.
Kirkby, C.A., Giudice-Granados, R., Day, B., Turner, K., Velarde-Andrade, L.M., Dueñas-
Dueñas, A., ... Douglas, W.Y., 2010. The market triumph of ecotourism: an economic
investigation of the private and social beneﬁts of competing land uses in the Peruvian
Amazon. PLoS One 5 (9), e13015.
Koirala, R.K., Raubenheimer, D., Aryal, A., Pathak, M.L., Ji, W., 2016. Feeding pre-
ferences of the Asian elephant (Elephas maximus) in Nepal. BMC Ecol. 16 (1), 54.
Kumar, M.A., Mudappa, D., Raman, T.S., 2010. Asian elephant Elephas maximus habitat
use and ranging in fragmented rainforest and plantations in the Anamalai Hills, India.
Trop. Conserv. Sci. 3 (2), 143–158.
Laufer, J., Michalski, F., Peres, C.A., 2013. Assessing sampling biases in logging impact
studies in tropical forests. Trop. Conserv. Sci. 6 (1), 16–34.
Laurance, W.F., Sayer, J., Cassman, K.G., 2014. Agricultural expansion and its impacts on
tropical nature. Trends Ecol. Evol. 29 (2), 107–116.
Liu, P., Wen, H., Lin, L., Liu, J., Zhang, L., 2016. Habitat evaluation for Asian elephants
(Elephas maximus) in Lincang: conservation planning for an extremely small popu-
lation of elephants in China. Biol. Conserv. 198, 113–121.
Lobo, J.M., Jiménez-Valverde, A., Real, R., 2008. AUC: a misleading measure of the
performance of predictive distribution models. Glob. Ecol. Biogeogr. 17 (2), 145–151.
Meijaard, E., Shiel, D., Nasi, R., Augeri, D., Rosenbaum, B., et al., 2005. Life after logging:
reconciling wildlife conservation and production forestry in Indonesian Borneo. Cent.
Int. For. Res. 345.
Meyer, W.B., Turner, B.L., 1992. Human population growth and global land-use/cover
change. Annu. Rev. Ecol. Syst. 23 (1), 39–61.
Murtilaksono, K., Darmosarkoro, W., Sutarta, E.S., Siregar, H.H., Hidayat, Y., Yusuf, M.A.,
L.J. Evans et al. Biological Conservation xxx (xxxx) xxx–xxx
8
2011. Feasibility of soil and water conservation techniques on oil palm plantation.
AGRIVITA 33 (1), 63–69.
Prosser, N.S., Gardner, P.C., Smith, J.A., Wern, J.G.E., Ambu, L.N., Goossens, B., 2016.
Body condition scoring of Bornean banteng in logged forests. BMC Zool. 1, 8.
Sabah Tourism, 2017. Sabah State Tourism Figures. http://www.sabahtourism.com/
business/statistic.
Sabah Wildlife Department, 2010. Crocodile Management Plan. Report. Kota Kinabalu,
Sabah, Malaysia.
Sabah Wildlife Department, 2012. Elephant Action Plan. Kota Kinabalu, Sabah, Malaysia.
Sala, O.E., Chapin, F.S., Armesto, J.J., Berlow, E., Bloomﬁeld, J., Dirzo, R., ... Leemans, R.,
2000. Global biodiversity scenarios for the year 2100. Science 287 (5459),
1770–1774.
Sappington, J.M., Longshore, K.M., Thompson, D.B., 2007. Quantifying landscape rug-
gedness for animal habitat analysis: a case study using bighorn sheep in the Mojave
Desert. J. Wildl. Manag. 71 (5), 1419–1426.
Sharma, R., Goossens, B., Heller, R., Rasteiro, R., Othman, N., Bruford, M.W., Chikhi, L.,
2018. Genetic analyses favour an ancient and natural origin of elephants on Borneo.
Sci. Rep. 8, 880.
Steinheim, G., Wegge, P., Fjellstad, J.I., Jnawali, S.R., Weladji, R.B., 2005. Dry season
diets and habitat use of sympatric Asian elephants (Elephas maximus) and greater one-
horned rhinoceros (Rhinoceros unicornis) in Nepal. J. Zool. 265 (4), 377–385.
Stockwell, D.R., Peterson, A.T., 2002. Eﬀects of sample size on accuracy of species dis-
tribution models. Ecol. Model. 148 (1), 1–13.
Sukumar, R., 1990. Ecology of the Asian elephant in southern India. II. Feeding habits and
crop raiding patterns. J. Trop. Ecol. 6 (1), 33–53.
The Star, 2017. RM80mil of Ivory and Pangolin Scales Seized in Sabah. 8th September
2017. http://www.thestar.com.my/news/nation/2017/09/08/rm80mil-of-ivory-
and-pangolin-scales-seized-in-sabah/#XbkWDqzAIufhCw38.99.
Wadey, J., Beyer, H.L., Saaban, S., Othman, N., Leimgruber, P., Campos-Arceiz, A., 2018.
Why did the elephant cross the road? The complex response of wild elephants to a
major road in Peninsular Malaysia. Biol. Conserv. 218, 91–98.
L.J. Evans et al. Biological Conservation xxx (xxxx) xxx–xxx
9
